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Domestic animals are often described as paedomorphic, meaning that they
retain juvenile characteristics into adulthood. Through a three-dimensional
landmark-based geometric morphometric analysis of cranial morphology
at three growth stages, we demonstrate that wild boar (n ¼ 138) and dom-
estic pigs (n ¼ 106) (Sus scrofa) follow distinct ontogenetic trajectories.
With the exception of the size ratio between facial and neurocranial regions,
paedomorphism does not appear to be the primary pattern describing the
observed differences between wild and domestic pig cranial morphologies.
The cranial phenotype of domestic pigs instead involves developmental
innovation during domestication. This result questions the long-standing
assumption that domestic animal phenotypes are paedomorphic forms of
their wild counterparts.1. Introduction
The process of domestication is characterized by significant changes in mor-
phology and behaviour that differentiate domestic forms from their wild
relatives [1,2]. The fact that these differences are observed consistently in a
wide range of taxonomically unrelated domestic mammals implies that a similar
evolutionary process is responsible for domestic phenotypes [2–5].
Traditionally, characteristics differentiating wild and domestic populations
have been thought to result from changes in developmental timing (hetero-
chrony), which lead to alterations in skeletal size and shape [6]. Many domestic
animals are often described as paedomorphic (e.g. [4,7]), meaning that they
retain ancestral (wild) juvenile characteristics into adulthood [8]. This paedo-
morphic pattern can be obtained through neoteny (also called juvenilization)
characterized by a delay in shape changes relative to an unchanged size [8].
The paedomorphic hypothesis has largely been based upon studies of
canids, whose novel variations in coat colour, reduced aggressiveness, and
retention of social bonding and inquisitive behaviours into adulthood are
traditionally cited as evidence for paedomorphism [9–11]. In addition, adult
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Figure 2. Evolution through growth of the size ratio between the facial and
neurocranial regions. (Online version in colour.)
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and a widening of the palate relative to their wild ancestors
[12,13]. As these changes were assumed to be the result of
an allometric scaling, several studies concluded that domestic
dog morphology also results from paedomorphism [12,13].
Similar arguments have been made for sheep horn form
[14], and pig crania because numerous pig breeds appear
to possess juvenile skull proportions (reviewed in [13]).
Despite the fact that few studies have explicitly tested the
role of heterochrony and paedomorphism in shaping dom-
estic animal diversity [9], both the lay and professional
domestication literature often continues to cite the paedo-
morphic hypothesis as an explanation for the morphological
phenotypes present in domestic animals (e.g. [15]). Two
recent studies of dog cranial morphology, however, have
rejected a global neotenic growth pattern for at least certain
breeds (e.g. [7,16]), suggesting that paedomorphism may not
explain the differences between wild and domestic
populations of other taxa.
Here, in order to determine whether paedomorphism
describes the distinctive cranial morphologies of domestic
pigs, we contrasted the cranial shape and size of 138 West
Palearctic wild boar (7 juveniles, 27 sub-adults and 104
adults) and 106 European domestic pigs (11 juveniles, 57
sub-adults and 38 adults). We initially compared the
growth of wild and domestic entire cranial shape, before ana-
lysing the neurocranial and facial regions independently,
because they have been identified as independent develop-
mental modules in dogs [17]. We then quantitatively
compared the growth trajectories (in terms of size, orientation
and shape of trajectories) of all wild and domestic pigs before
separating the early ( juveniles to sub-adults) and late
(sub-adults to adults) post-natal stages.2. Material and methods
The age class of the 244 crania analysed was assigned following
Higham’s protocol [18] to three age categories: juvenile, sub-
adult and adult (electronic supplementary material, table S1).Thirty-six unilateral, three-dimensional coordinates (figure 1a;
electronic supplementary material, figure S1 and table S2 [19])
were digitized from the right side of the cranium, using a Micro-
scribew GLS (EMicroscribe Inc.). These landmarks were divided
between the neurocranial and facial regions [16] (figure 1a). All
specimen coordinates were aligned using generalized Procrustes
analysis [20].
Differences in log-transformed centroid sizes and in the ratio
between the sizes (log-transformed) of the facial and neuro-
cranial regions were tested using Kruskal–Wallis tests and
visualized with boxplots. Shape variation was visualized using
principal component analyses (PCAs), and the differences in
shape (based on PCA scores) were explored using one-way
multivariate analysis of variance. Mahalanobis distances corre-
sponding to the measure of dissimilarity between groups were
derived from canonical variates analyses and visualized with
neighbour joining networks. Cranial shapes of wild and dom-
estic pigs were visualized for each of the age classes using their
consensus (mean) configuration, obtained from independent
superimpositions. We compared the phenotypic trajectories
between the wild and domestic ontogenetic series following
[21] using 1000 iterations.
Analyses were also performed on a sub-set of the original
dataset, which represented two domestic breeds (Berkshire and
Deutches Edelschwein) and wild boar specimens from Poland
for which complete ontogenetic series were available. Where
specified, p-values were corrected for multi-test comparisons.
All analyses were carried out in R v. 3.2.1 [22], using the libraries
Rmorph [23] and Geomorph [24].3. Results
(a) Morphological variation during growth
When the full cranium is analysed, the ontogenetic series of
wild and domestic pigs occupy discrete positions in morpho-
logical shape space (figure 1bi). The two groups are clearly
distinct from youth (zero to three months) to adulthood
and possess increasing shape differences with age (Mahala-
nobis distances between juveniles d2 ¼ 11.2, sub-adults d2 ¼
35.7, adults d2 ¼ 49.4; figure 1b,c). A similar pattern is
observed when the two cranial regions are analysed indepen-
dently (figure 1b): wild and domestic pigs differ from birth
(all p, 1  1023), with increasing differences with age
(facial region: d2 ¼ 15.9–28.5–34.9; neurocranial region:
d2 ¼ 9.8–29.5–35.1, for juveniles, sub-adults and adults
respectively).
Throughout post-natal growth, wild and domestic pigs
show similar full cranium size variation (among juveniles:
x2 ¼ 0.74, p ¼ 0.39; sub-adults: x2 ¼ 2.3, p ¼ 0.13; adults:
x2 ¼ 0.81, p ¼ 0.37; figure 1biii). Similar results were obtained
for the facial region (among juveniles: x2 ¼ 0.9, p ¼ 0.34; sub-
adults: x2 ¼ 2.73, p ¼ 0.09; adults: x2 ¼ 2.9, p ¼ 0.09;
figure 1). The neurocranial region does not differ in size
between wild and domestic juveniles (x2 ¼ 0.1, p ¼ 0.75).
Domestic sub-adults and adults, however, possess a larger
neurocranial region than their wild relatives (among sub-
adults: x2 ¼ 11.4, p ¼ 0.0007; adults: x2 ¼ 57.39, p ¼ 3.5 
10214; figure 1biii).
As a consequence, the size ratio between the facial and neu-
rocranial regions changes in a different manner in wild and
domestic pigs during ontogeny (figure 2).Whilewild boar dis-
play an increase in the ratio throughout growth (all p, 0.05),
domestic pigs show only an increase between the juvenile and
sub-adult stages (x2 ¼ 11.83, p ¼ 0.0006) followed by a
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 on August 18, 2017http://rsbl.royalsocietypublishing.org/Downloaded from decrease between the sub-adult and adult stages (x2 ¼ 7.6, p ¼
0.006; figure 2). This pattern is responsible for the larger neuro-
cranial region observed in domestic pigs, while the size of the
facial region is identical in wild and domestic pigs in these two
age classes (figure 1biii).
(b) Growth trajectories
In analyses of the entire skull and the separate regions, the
ontogenetic trajectories for wild and domestic pigs differ in
both shape and orientation, but not in length (table 1 and
figure 1bi). However, the observed amount of change
between the sub-adults and adults is significantly greater in
domestic pigs than in wild boar for all structures (table 1).
These results include all available specimens and are lar-
gely congruent with analyses restricted to the two domestic
breeds (Berkshire and Deutches Edelschwein) and single
wild population (Poland), where complete ontogenetic series
were available (electronic supplementary material, figure S2).4. Discussion
At no point during development does the cranium of a dom-
estic pig resemble that of a juvenile wild boar, a prerequisite
for the paedomorphic model [25]. Moreover, significant
differences in cranial shape are already present in wild and
domestic pigs at the juvenile stage, which indicates that the
differences in adult morphology are at least partially estab-
lished during prenatal growth. Thus, the ontogenetic
mechanisms responsible for the observed differences are
initiated before birth.
Wild and domestic pigs undergo similar amounts of
change in cranial morphology during post-natal develop-
ment, but they follow different ontogenetic paths that
further reinforce the juvenile cranial shape differences. There-
fore, adult domestic pig cranial morphology is not the result
of a truncated ancestral ontogenetic trajectory, as assumed by
the paedomorphic model. Thus, in contradiction to an exten-
sive body of literature on the domestication process (e.g.
[12,13], with a notable exception [16]), we can, therefore,
reject the hypothesis that the domestic pig cranium is
paedomorphic.
However, the early cessation of the increase in the face/
neurocranium size ratio observed in domestic pigs may
appear congruent with a paedomorphic pattern. The ‘domes-
tication syndrome’ in mammals includes a shortening of the
face [7], which in domestic pigs appears to be the result of
both a change in facial shape (which becomes shorter and
wider) and an increase in neurocranial size.
The differences between wild and domestic pig ontogen-
etic trajectories are much greater than those previously
documented for dogs [16]. Pig and wild boar crania also
show more pronounced differences in adult shape, compared
with the dog/wolf results [16]. Analysing a greater number
of wild and domestic pairs will establish whether these
ontogenetic patterns are generalizable in other taxa.
Domestication is a long, complex, continuous and on-
going process which, for pigs, began some 10 500 years ago
[26]. Unfortunately, the scarcity of complete pig crania in
the archaeological record restricts the potential to explore
the initial phases of domestication and determining the tem-
poral emergence of these developmental alterations. The
process of domestication also induced other morphological
rsbl.roya
5
 on August 18, 2017http://rsbl.royalsocietypublishing.org/Downloaded from changes, including a greater rate of asymmetry in domestic
forms [27,28] that may have resulted from environmental or
genetic stress [29] and likely also develop during growth,
all of which deserve to be explored in further studies.lsocietypublishing.org
Biol.Lett.13:201703215. Conclusion
Domestic pigs are not simply paedomorphic wild boar.
Developmental changes initiated before birth and accentuated
by distinct post-natal growth trajectories are responsible for
the domestic pig’s cranial morphology. This paper highlights
the importance of development in understanding domestic
morphologies and the diversity of the resulting patterns
(e.g. dogs versus pigs). Our results do not preclude the possi-
bility that paedomorphism may exist in other traits or in other
species, but claims for such require rigorous testing. Because
wild and domestic pigs differ at the earliest developmental
stages, additional studies of embryogenesis are needed to
better understand the evolution of domestic phenotypes.Data accessibility. The datasets supporting the results of this article are
available in the Dryad Digital Repository (http://dx.doi.org/
10.5061/dryad.c3f25) [19].
Authors’ contributions. J.O. collected the data, and A.E., J.O. and M.D.T.
computed the analyses. G.L., K.D., T.C. and U.S.V. conceived the
study, and participated in its design and coordination. All authors
contributed to the writing and editing of each manuscript draft
and approved the final manuscript. All authors agree to be held
accountable for the content therein.
Competing interests. We declare no competing interests.
Funding. This project was supported by NERC (NE/F003382/1), the
Leverhulme Trust (F/00128/AX) and a European Research Council
grant (no. ERC-2013-StG-337574-UN- DEAD).
Acknowledgements. We thank the institutions and individuals that pro-
vided access to collections, especially the curators of the Museum
fu¨r Naturkunde, Berlin; Muse´um d’Histoire Naturelle, Gene`ve;
Museum fu¨r Haustierkunde, Halle; the American Museum of Natu-
ral History, New York; the Smithsonian Institution, Washington; and
the Natural History Museum, London. We thank Ardern Hulme-
Beaman for his help during data collection, and Kieran McNulty,
Julien Claude and Mathieu Joron for discussion and comments
on the manuscript. We thank the reviewers of this work whose
suggestions improved the manuscript.References1. Clutton-Brock J. 1999 A natural history of
domesticated animals. Cambridge, UK: Cambridge
University Press.
2. Darwin C. 1868 The variation of animals and plants
under domestication. London, UK: John Murray.
3. Price E. 1999 Behavioral development in animals
undergoing domestication. Appl. Anim. Behav. Sci.
65, 245–271. (doi:10.1016/S0168-1591(99)00087-8)
4. Clutton-Brock J. 1981 Domesticated animals from
early times, 1st edn. London, UK: British Museum
of Natural History.
5. Wilkins AS, Wrangham RW, Tecumseh Fitch W. 2014
The ‘domestication syndrome’ in mammals: a
unified explanation based on neural crest cell
behavior and genetics. Genetics 197, 795–808.
(doi:10.1534/genetics.114.165423)
6. Alberch P, Gould SJ, Oster GF, Wake DB. 1979 Size
and shape in ontogeny and phylogeny. Paleobiology
5, 296–317. (doi:10.1111/j.1558-5646.2007.
00297.x)
7. Sa´nchez-Villagra MR, Geiger M, Schneider RA.
2016 The taming of the neural crest: a
developmental perspective on the origins of
morphological covariation in domesticated
mammals. R. Soc. Open Sci. 3, 160107. (doi:10.
1098/rsos.160107)
8. Godfrey LR, Sutherland MR. 1995 What’s growth
got to do with it? Process and product in the
evolution of ontogeny. J. Hum. Evol. 29, 405–431.
(doi:10.1006/jhev.1995.1066)
9. Price EO. 1984 Behavioral aspects of animal
domestication. Q. Rev. Biol. 59, 1–32. (doi:10.
1086/413673)
10. Coppinger R, Glendinning J, Torop E, Matthay C,
Sutherland M, Smith C. 2010 Degree of behavioral
neoteny differentiates canid polymorphs. Ethology
75, 89–108. (doi:10.1111/j.1439-0310.1987.
tb00645.x)11. Ga´csi M, Vas J, Topa´l J, Miklo´si A´. 2013 Wolves do
not join the dance: sophisticated aggression control
by adjusting to human social signals in dogs. Appl.
Anim. Behav. Sci. 145, 109–122. (doi:10.1016/j.
applanim.2013.02.007)
12. Morey DF. 1992 Size, shape and development in
the evolution of the domestic dog. J. Archaeol.
Sci. 19, 181–204. (doi:10.1016/0305-
4403(92)90049-9)
13. Wayne RK. 1986 Cranial morphology of domestic
and wild canids: the influence of development on
morphological change. Evolution 40, 243–261.
(doi:10.1111/j.1558-5646.1986.tb00467.x)
14. Geist V. 1971 Mountain sheep. A study in behavior
and evolution. Chicago, IL: University of Chicago
Press.
15. Zeder MA. 2012 Pathways to animal domestication.
In Biodiversity in agriculture: domestication,
evolution, and sustainability (eds RL Bettinger, PP
Gepts, TR Famula), pp. 227–259. Cambridge, UK:
Cambridge University Press.
16. Drake AG. 2011 Dispelling dog dogma: an
investigation of heterochrony in dogs using 3D
geometric morphometric analysis of skull shape.
Evol. Dev. 213, 204–213. (doi:10.1111/j.1525-142X.
2011.00470.x)
17. Drake AG, Klingenberg CP. 2010 Large-scale
diversification of skull shape in domestic dogs:
disparity and modularity. Am. Nat. 175, 289–301.
(doi:10.1086/650372)
18. Higham CFW. 1967 A consideration of the earliest
Neolithic culture in Switzerland. Viertel. Nat. Ges.
Zu¨rich 112, 123–136.
19. Evin A, Owen J, Larson G, Debiais-Thibaud M, Cucchi
T, Strand Vidarsdo´ttir US, Dobney K. 2017 Data
from: A test for paedomorphism in domestic pig
cranial morphology. Dryad Digital Repository.
(http://dx.doi.org/10.5061/dryad.c3f25)20. Bookstein FL. 1991 Morphometric tools for land-
mark data: geometry and biology. Cambridge, UK:
Cambridge University Press.
21. Collyer ML, Adams DC. 2013 Phenotypic trajectory
analysis: comparison of shape change patterns in
evolution and ecology. Hystrix Ital. J. Mammal. 24,
75–83. (doi:10.4404/hystrix-24.1-6298)
22. R Core Team. 2015 R: a language and environment
for statistical computing. Vienna, Austria: R
Foundation for Statistical Computing. http://
www.R-project.org.
23. Baylac M. 2012 Rmorph: a R geometric and
multivariate morphometrics library. Available from
the author: baylac@mnhn.fr.
24. Adams DC, Ota´rola-Castillo E. 2013 Geomorph: an R
package for the collection and analysis of geometric
morphometric shape data. Methods Ecol. Evol. 4,
393–399. (doi:10.1111/2041-210X.12035)
25. Leigh SR, Shah NF, Buchanan LS. 2003 Ontogeny
and phylogeny in papionin primates. J. Hum. Evol.
45, 285–316. (doi:10.1016/j.jhevol.2003.08.004)
26. Vigne J. 2011 The origins of animal domestication
and husbandry: a major change in the history of
humanity and the biosphere. C. R. Biol. 334,
171–181. (doi:10.1016/j.crvi.2010.12.009)
27. Almeida D, Almodo´var A, Nicola GG, Elvira B. 2008
Fluctuating asymmetry, abnormalities and parasitism
as indicators of environmental stress in cultured stocks
of goldfish and carp. Aquaculture 279, 120–125.
(doi:10.1016/j.aquaculture.2008.04.003)
28. Moller AP, Sanotra GS, Vestergaard KS. 1995
Developmental stability in relation to population
density and breed of chickens Gallus gallus. Poult.
Sci. 74, 1761–1771. (doi:10.3382/ps.0741761)
29. Parsons PA. 1992 Fluctuating asymmetry: a
biological monitor of environmental and genomic
stress. Heredity 68, 361–364. (doi:10.1038/hdy.
1992.51)
